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A B S T R A C T
Dinophysis acuminata and Dinophysis acuta are recurrent species off NW Iberia but their outbreaks occur
under different conditions. A decade (2004–2013) of weekly data for each species at two sentinel
stations located at the entrance of Rias de Aveiro-AV (NW Portugal, 40838.60 N) and Pontevedra-PO
(Galicia, Spain, 42821.50 N), were used to investigate the regional synchronism and mesoscale differences
related to species detection, bloom (>200 cells L1) initiation and development. Results highlight the
high interannual variability of bloom events and summarize the associated meteorological/
oceanographic conditions. D. acuta blooms were observed in 2004–2008 and 2013, and the species
highest maxima at AV occurred after the highest maxima of its prey Mesodinium, with a time-lag of 2–3
weeks. D. acuminata blooms were observed every year at both stations. The cell concentration time series
shows that the blooms generally present a sequence starting in March with D. acuminata in PO and three
weeks later in AV, followed by D. acuta that starts at AV and three months later in PO. Exceptionally, D.
acuminata blooms occurred earlier at AV than PO, namely in high spring upwelling (2007) or river runoff
(2010) years. A four-year gap (2009–2012) of D. acuta blooms occurred after an anomalous 2008 autumn
with intense upwelling which is interpreted as the result of an equatorward displacement of the
population core. Numerical model solutions are used to analyze monthly alongshore current anomalies
and test transport hypotheses for selected events. The results show a strong interannual variability in the
poleward/equatorward currents associated with changes in upwelling forcing winds, the advection of D.
acuta blooms from AV to PO and the possibility that D. acuminata blooms at AV might result from inocula
advected southward from PO. However, the sensitivity of the results to vertical position of the lagrangian
tracers call for more studies on species distribution at the various bloom stages.
 2015 Elsevier B.V. All rights reserved.
Contents lists available at ScienceDirect
Harmful Algae
jo u rn al h om epag e: ww w.els evier .c o m/lo cat e/ha l1. Introduction
Harmful Algal Bloom (HAB) species are regular components of
the phytoplankton in northwestern Iberian upwelling waters, a
coast annually affected mainly during summer and autumn by
blooms, sometimes in very high concentration of cells, of
Dinophysis species. These dinoflagellates are diarrhetic shellfish
poisoning (DSP) producers and are the main cause for long periods
of shellfish harvesting closures with serious socio-economic* Corresponding author at: Instituto Portugueˆs do Mar e da Atmosfera (IPMA),
Rua Alfredo Magalha˜es Ramalho, 6, 1495-165 Lisboa, Portugal.
E-mail addresses: tmoita@ipma.pt (M.T. Moita), pboliveira@ipma.pt
(P.B. Oliveira).
http://dx.doi.org/10.1016/j.hal.2015.12.002
1568-9883/ 2015 Elsevier B.V. All rights reserved.impacts in the region. Dinophysis, though tolerating upwelling
turbulence, are favored by thermal and haline stratification and
there is little evidence that blooms are induced by elevated
nutrient concentrations (Delmas et al., 1992; Reguera et al., 1995;
GEOHAB, 2008). They seem to be excelent survivors and can attain
high growth rates (Reguera et al., 2012).
Dinophysis are obligate mixotrophic species that in cultures
depend simultaneously on the availability of prey, e.g. the
phototrophic ciliate Mesodinium rubrum, and on light intensity
for photosynthesis (Kim et al., 2008). In nature, populations of the
predator and prey still need to aggregate to enhance encounter
rates. Despite these specificities, the development of Dinophysis
blooms follow the general phases of population development
(initiation, growth, maintenance and decay) that, together with
their transport by currents, need to be studied in order to better
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Furthermore, Reguera et al. (2012) pointed out that the conditions
for the initiation, or for the supply of inoculum populations, may
hold the key to explain Dinophysis bloom interannual variability.
Twenty five years of HAB monitoring on NW Iberia waters show
that blooms of the endemic dinoflagellates Dinophysis acuta and
Dinophysis acuminata are recurrent although presenting a high
interannual variability whose causes are still poorly understood.
Both species coexist but their maxima never coincide in space or in
time (Palma et al., 1998), and their peaks can alternate in late
summer and early autumn associated with different stratification
patterns (Reguera et al., 1993). In the west coast of Portugal (Fig. 1),
the region between Figueira da Foz (F.Foz) and Aveiro (AV), i.e.
between 408100 N and 418 N, is the most problematic area, where
the species maxima are normally reported (Palma et al., 1998;
GEOHAB, 2005; Vale et al., 2008), and have been observed in thin
subsurface layers within the pycnocline (Moita et al., 2006). This
area is in general considered the epicenter for D. acuta blooms in
northwestern Iberia where they often occur first and are more
intense than in adjacent areas (Moita et al., 2006; Escalera et al.,
2010). For similar reasons, Rı´a de Pontevedra, in Galicia, is thought
to be a hot-spot for D. acuminata blooms in NW Iberia (Pazos et al.,
2005). Exceptionally in some years, intense blooms of D. acuta
were observed only in Galicia and not further south (e.g. 1989,
Reguera et al., 1995) or the reverse with D. acuminata blooms in
Portugal (e.g. 2007, this work).
The very sudden increase in Dinophysis cell numbers detected in
some coastal monitoring sites cannot be fully explained by the
species growth rates alone. There is evidence that populations of
both species can be transported alongshore but relaxation/
downwelling events may also cause their accumulation inshore
(Reguera et al., 1995; Sordo et al., 2001; Crespo et al., 2006;
Escalera et al., 2010). Upwelling, through pycnocline shallowing,
can serve as a mechanism of concentrating populations that can beFig. 1. Map of NW Iberia showing the position of the two HAB long term monitoring statio
entrance of Ria de Aveiro (Portugal).advected by the inshore poleward currents when the winds
weaken, a physical mechanism observed by Sordo et al. (2001)
and Oliveira et al. (2009). Contrasting climatic conditions were
also evoked to explain the selection in the Galician rias of
Dinophysis acuminata and Dinophysis acuta blooms in 2002 and
in 2003 respectively (Escalera et al., 2010): D. acuminata was
associated with thermohaline stratification and persistent
northerly winds while D. acuta was related to an exceptionally
hot summer with the lowest upwelling index of the previous 50
years. Dı´az et al. (2013) showed that the early initiation of D.
acuminata blooms in the Galician Rı´as Baixas, observed in 2002
and 2012, were related to positive anomalies in SST and atypical
predominance of upwelling winds during the immediately
previous winters.
This work aims at investigating in detail the conditions related
to Dinophysis acuta and Dinophysis acuminata bloom initiation and
intensification in two sites off NW Iberia (Galician rias and NW
coast of Portugal) separated by 200 km. Data include: (i) a decade
(2004–2013) of Dinophysis weekly data samples from two
monitoring stations where the species often present regional
maxima; (ii) meteorological reanalysis data and (iii) daily sea
surface maps to provide a synoptic view of the sea surface
conditions prior to bloom development; (iv) hydrodynamic model
solutions to investigate the advection of Dinophysis populations
between the two regions.
2. Study area, data and methods
2.1. The study area
The area of study is located at the NW coast of Iberia (Fig. 1), in
the northern limit of the upwelling system associated with the
north Atlantic anticyclonic gyre. In this region, the upwelling
occurs seasonally, from late spring to early Autumn with ans, PO located in front of Bue´u in Rı´a de Pontevedra (Galicia, NW Spain) and AV at the
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events normally last for 5–10 days (Wooster et al., 1976; Fiu´za
et al., 1982). As reported for other eastern boundary systems
(Smith, 1981), the velocity and width of the coastal upwelling jet is
dependent on the duration and strength of the northerly wind
events. The upwelling front can expand over the slope, or contract
toward the coast, under northerly or southerly winds respectively.
Several studies have shown the existence of a poleward counter
current carrying warm oceanic water northwards over the slope
(Frouin et al., 1990; Haynes and Barton, 1990), and also an inner-
shelf poleward current that advects warm water after the cessation
of upwelling (Sordo et al., 2001). These authors also showed this
current promoted the alongshore transport of HABs.
The local upwelling patterns of NW Iberia also depend on the
coastal morphology, which is NW-SE oriented between cape
Finisterre (Galicia) and 418 N latitude (Porto, Portugal) and NE-
SW from that latitude until cape Carvoeiro. In Galicia, the
coastline is deeply indented by Rı´as Baixas allowing a dynamic
exchange of water between the shelf and the Rı´as, leading to a
local increase in phytoplankton productivity (Figueiras et al.,
2002). The Rı´as also act as resonance boxes for HABs events
(Escalera et al., 2010). To the south, the coastline is straight and
the shelf becomes gradually wider and flatter until F.Foz
(40.28 N), contributing to the thermal increase of water column
stratification. This stratification is also enhanced by the
discharges of several important rivers (e.g. Douro and Minho).
The coast between 42 and 418 N has been described as the
source for a recurrent upwelling filament that, depending on the
wind conditions and its interaction with the offshelf eddies,
develops with different intensities (Relvas et al., 2007).
2.2. Data and methods
Dinophysis acuta and Dinophysis acuminata data from April 2004
until December 2013 were provided by the Galician (INTECMAR)
and the Portuguese (IPMA) HABs Monitoring Programs and are
from two selected sampling stations where, over the years, these
species maxima often occurred. Data on Mesodinium rubrum
counts at Aveiro, from May 2004 to December 2006 and from
April 2008 until December 2010, are also presented. Additional
data of D. acuta from all the HAB monitoring stations to the
north of Lisbon were used to determine in each year the area of
the coast where blooms initiated and the maxima were
observed.
Station PO-Bue´u (known as P2 in Galician monitoring program)
is located at the southern side of ria de Pontevedra, Galicia
(42821030.000 0 N; 8846020.000 0 W; 30 m depth) and station AV-
Mare´grafo is located at the entrance of ria de Aveiro
(40838038.950 0 N; 8844055.180 0 W; 5 m depth), a site always
sampled one hour before high tide to monitor shelf waters that
enter the ria (Fig. 1). Water samples were collected with a hose-
sampler to 15 m at PO and at the surface with a Niskin bottle at AV.
In both cases, the samples are considered to represent the upper
mixed layer of the water column, resulting from the tidal and wave
mixing at the entrance of Ria de Aveiro, and the use of the
integrated sampler in PO. All samples were immediately preserved
with Lugol solution. Subsamples of 25–50 ml were allowed to
settle before counting. The species were identified and counted by
using the Utermo¨hl technique and inverted contrast microscopy.
Daily sea surface temperature (SST) maps were obtained from
the Operational Sea Surface Temperature and Sea Ice Analysis –
OSTIA (spatial resolution 0.058, 5 km) available from the
MyOcean service. Meteorological parameters (surface wind
components, photosynthetic active radiation – PAR) were obtained
from the ECMWF ERA Interim re-analyses (spatial resolution
0.258  0.258, 25 km).Bakun (1973) upwelling indices – UI (m3s1/100 m) = ty/f –
were calculated, based on the N-S wind component over the
shelf (98 W) and a latitude between AV and PO (41.58 N). The
wind stress was computed using the quadratic drag law
ty = raCDjvjn, where jvj is the wind speed (m s1), n is the
northward wind component (m s1), ra is the air density
(1.22 kg m3) and CD is the drag coefficient (0.0014). Using this
formulation, the UI has the same signal as the NS wind
component; therefore negative UI corresponds to offshore
Ekman transport driven by the upwelling favorable equatorward
winds, while positive UI corresponds to convergence/down-
welling driven by poleward winds.
A Lagrangian model (Regional Ocean Modeling System-ROMS)
was used to test several hypotheses of bloom initiation/detection
after passive transport. Particle-tracking experiments used a 3D
hydrodynamic model configured to reproduce NW Iberia shelf
circulation. Monthly maps of current component anomalies,
relative to the decade average (2004–2013), were computed from
NEMO model solutions distributed as the MyOcean ‘‘Atlantic-
Iberian Biscay Irish-Ocean Physics’’ products. The decade-long
dataset for NW Iberia was constructed by merging the ‘‘reanalysis’’
product for the period 2004–2011 and the ‘‘analysis and forecast’’
product for 2012–2013.
An Empirical Orthogonal Function (EOF) analysis of OSTIA SST
data for the period 2004–2013 was used to identify the main
variability patterns. The EOFs were computed using the singular
value decomposition routine implemented in the Ferret software
(Hankin et al., 1996). Depending on the author, slightly different
EOF terminologies are used. Here we use the term EOF for the
eigenvectors Fi(x) and EOF coefficients ai(t) such that
SST(x,t) = SUM[Fi(x)ai(t)]. To aid the visualization of the relative
magnitude of the first three EOFs, that account for 98.9% of the
temporal variance, the eigenvectors and corresponding coeffi-
cients were respectively scaled by factors k and 1/k, so that all EOF
coefficients ai(t) fall within similar ranges. The results presented
below refer to the so-called ‘‘temporal EOFs’’ in the sense that
diagonalization of the covariance matrix was obtained by
removing the temporal mean. To reduce the computer memory
requirements, the daily SST fields at 5 km resolution were
averaged to 5-day and 1/148 (7 km) resolution prior to the EOF
decomposition. To complement the EOF analysis, SST anomalies
over the inner-shelf (depths up to 50 m) between 39.58 N and
438 N were computed by subtracting the daily maps from its 10
year mean.
The freshwater continental runoff was estimated based on the
sum of daily discharges from dams of rivers Lima, Ca´vado and
Douro made available by Servic¸o Nacional de Recursos Hı´dricos
(SNIRH, Ageˆncia Portuguesa do Ambiente).
2.3. Time series analysis (2004–2013)
To study the conditions prior to Dinophysis bloom initiation, we
define a bloom event as the time corresponding to Dinophysis cells
concentration larger than 200 cells L1. This threshold, currently in
use as the early warning level by the HAB monitoring program in
Portugal, was chosen because above this limit the concentration of
Dinophysis cells generally increases and lead to shellfish toxicity
levels above regulatory limits. We also used the term epicenter for
the area of the coast where blooms are first detected each year. In
addition, a second threshold of 103 cells L1 was used to analyze
the conditions related to the development of events with a high
concentration of cells. The different subsets were generated and
analyzed using the R statistical computing environment (R
Development Core Team, 2011). Summary statistics of the
Dinophysis occurrence dates, SST, UI and PAR were calculated for
each area and for different species concentrations.
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In order to simulate Dinophysis pathways, an Individual Based
Model (IBM), similar to that used in the Nolasco et al. (2013a), was
coupled to a ROMS configuration (Nolasco et al., 2013b) using ROFF
(Carr et al., 2007). ROFF is a drifter-tracking code which simulates
particle trajectories from stored ROMS velocity and hydrological
fields.
The drifter-tracking code simulates Dinophysis trajectories
from stored ROMS velocity and hydrological fields using a high
order predictor–corrector scheme to integrate the motion
equation dX/dt = UROMS(X,t), with X being the position vector
(x,y,z), and UROMS being the modeled 3D velocity vector over
time, given an initial condition X(t0) = X0. This algorithm is run
with a timestep, dt, of 300 s, which is also the timestep used to
generate the ROMS fields, provided to ROFF as daily averages. In
addition to the advection generated by the model velocities, the
particle movements included random velocities in the vertical
direction, which were used to parameterize unresolved turbulent
processes.Fig. 2. (A) Daily upwelling index – UI – time series (gray line), 5-day running mean (thi
coefficients and (D–F) eigenvectors of the first three EOFs, explaining 98.9% of the SST v
eigenvector: (B) solid line (EOF1), dashed line (EOF2); (C) solid line (EOF3). The dashed li
special events discussed in the text: 1 – no upwelling and positive SST anomaly off AV (EO
upwelling; 5 – high river runoff; 6 – dry year; 7 – strong positive SST anomaly (EOF2 area)
(AV area).3. Results
3.1. Mesoscale and interannual variability of the oceanographic
conditions
The studied period was characterized by a high interannual
variability of meteorological and oceanographic conditions. 2013
presented the weakest upwelling season of the studied decade,
with upwelling almost absent from April to September (Fig. 2A,
thick line, arrow 1). In contrast, 2007 showed an almost
uninterrupted sequence of very strong upwelling events
(Fig. 2A, gray line, arrow 3), from March until the end of August,
with only a two week relaxation period in June (Fig. 2A, thick line,
arrow 3). In 2004, the upwelling was also weak from mid May until
the end of August, only with a two week event of strong northerlies
in early July. The year 2006 was characterized by very low
upwelling in April and May, followed by weak upwelling episodes
until the end of August (Fig. 2A, thick line, arrow 2). The remaining
years presented moderate upwelling during spring and summer.
Autumn 2008 deserves particular attention since, contrarily to theck line) and daily regional river runoff – RO (dashed line); (B and C) temporal EOF
ariance. The temporal coefficients are represented according to the corresponding
ne in (C) represents the SST anomaly at the inner-shelf. Numbers in arrows indicate
F3); 2 – mild upwelling; 3 – strong spring and summer upwelling; 4 – strong autumn
; 8 – strong negative SST anomaly (EOF3 areas); 9 – the highest positive SST anomaly
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was characterized by very strong upwelling, from September to
December (Fig. 2A, thick line, arrow 4).
Runoff data show that the 2009–2010 winter was particularly
rainy (Fig. 2A, dashed line, arrow 5), with March 2010 being the
wettest of the series. Autumn 2006, winter 2011 (January to
March) and January to April 2013 also presented high river
discharges. The driest years were 2005 and 2012 (Fig. 2A, dashed
line, arrow 6).
The results of the EOF analyses, extracting the main SST
variability patterns, are presented in Fig. 2B–F. The first mode,
which accounts for 96.9% of the variance, is related to the
seasonal cycle of the cross[along]-shore SST gradient off
west[north] Iberia. The EOF1 temporal coefficient (Fig. 2B, solid
line) has a clear annual periodicity and EOF1 has an alongshore
distribution over W Iberia, contrasting with the northern coast
(Fig. 2D). The lower values of this mode over the western shelf
show that the amplitude of the seasonal cycle is lower along the
coast, resulting from the cold coastal upwelling waters that
occupy the shelf during summer. The minimum values are found
in the northermost tip of the region around cape Finisterre,
defining the area of coldest summer temperatures. EOF2,
accounting for 1.63% of the variance, shows maximum positive
values over the shelf centered at 418 N, south of the Galician Rı´as
(Fig. 2E). EOF3, which represents 0.35% of the variance, follows a
similar pattern off W Iberia but with localized coastal maxima
off Ria de Aveiro and the Galician Rı´as (Fig. 2F). Both EOFs
present considerable interannual variability (Fig. 2B dashed line
and Fig. 2C, solid line). The areas with higher EOF values are
thus interpreted as the locations with stronger interannualD. acuminat a
D. acuta
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Fig. 3. Interannual variability of (A) Dinophysis acuminata and (B) Dinophysis acuta cell c
December 2013.fluctuations of the coastal processes driving the sea surface
temperature, namely the summer coastal divergence/conver-
gence. The simultaneous analyses of EOF2 and EOF3 coefficients
allows, for each date, to highlight the periods and events that
presented mesoscale differences or similarities between the two
sampling regions.
Some years present periods characterized by opposite signals of
EOF2 and EOF3 coefficients, being EOF3 positive, meaning that the
region off Aveiro was locally warmer than surrounding shelf
waters in general, and consequently warmer than the Galician Rı´as
further north. Examples of these events, focusing in the period
from the end of spring until the end of summer, were: mid June–
mid September 2005, May–mid August 2008, mid June–August
2010 and mid July–mid September 2013 (Fig. 2A, e.g. arrow 1). The
opposite was observed during several autumn periods such as in
2008, when waters off Aveiro were much cooler (Fig. 2C, arrow 8)
than October–November 2012, due to the abnormally intense
autumn upwelling.
The comparison between EOF coefficients and the SST anoma-
lies over the inner-shelf between 39.58 N and 438 N (Fig. 2C, dashed
line) highlights the regional scope of the various events. The
highest positive inner-shelf anomalies were recorded in autumn
2006, corresponding mostly to the EOF2 pattern which also
presents high coefficient values. Conversely, the lowest values
(negative) inner-shelf anomalies in autumn 2008 correspond to
both EOF2 and EOF3, with a stronger contribution from the later
revealing that the very intense upwelling has further affected the
areas off Aveiro. On the other hand, the same comparison shows
that EOF decomposition can uncover localized features that might
not be captured by the analysis of broader inner-shelf SST8     2009     2010     2011     2012     201 3        
8     2009      2010     201 1     20 12     2013         
AV- Aveiro
PO- Pontevedra
oncentration at Aveiro (AV) and Pontevedra (PO) stations, from 18 May 2004 to 31
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values, showing that the effect of the very weak upwelling season
mostly affected the coastal areas between 408 N and 418 N.
3.2. Interannual variability of Dinophysis species
During the decade, Dinophysis acuminata blooms were more
frequent although less intense than those of Dinophysis acuta in
both stations (Fig. 3 and Annex 1). At AV D. acuminata blooms
reached higher intensities and durations in 2007 and 2008 than in
PO (e.g. 9.4  103 cells L1 in AV, 3  103 cells L1 in PO), decreas-
ing in intensity during the following years. In PO, D. acuminata
blooms were particularly intense from 2010 to 2012, reaching
27  103 cells L1 in July 2010. During 2004, D. acuminata
outbreaks appear to be the weakest of the decade (up to
103 cells L1), but there is a lack of data before May.
At AV station, Dinophysis acuta bloomed annually from 2004 to
2008, 2005 being characterized by exceptional blooms that
reached 87  103 cells L1 in September, when a historical
maximum of the species in Portugal (14  104 cells L1) was
observed at a site located 10 km to the south. A maximum
(17.6  103 cells L1) for the decade was also observed in PO but
detected later in November. D. acuta did not exceeded the bloom
threshold level in 2009 and from 2011 to 2012, while in PO the
species did not bloom from 2007 until 2012 (Fig. 3, Annex 1). In
2010, only a short and weak peak (0.5  103 cells L1) was
observed at AV, in September. In general, the blooms were more
intense (slightly lower in 2013) and lengthy in AV than in PO,
confirming AV as the epicenter of D. acuta blooms. Even in 2006,
when a peak of 3  103 cells L1 was registered in PO, a cruise
covering the Portuguese shelf between F. Foz and Aveiro registered
9  103 cells L1 of D. acuta at midshelf (Silva et al., in prep, data
not shown). In 2007 and 2008 D. acuta blooms were only observed
at AV. In 2007 they last during two weeks in October, while in 2008
the blooms initiated in May and persisted until mid August. After a
decline in bloom events from 2009 to 2012, in 2013 D. acuta
reached 4.6  103 cells L1 during a short two weeks episode in
mid September. In PO the blooms suddenly occurred two weeks
later, with a concentration of 5  103 cells L1 and lasted for one
month.
3.2.1. Interannual distribution of Dinophysis and Mesodinium
All counts of Mesodinium cells used in the present work were
identified as Mesodinium cf. rubrum regardless their size. However,
considering the several Mesodinium species presented recently by
Garcia-Cuetos et al. (2012), it is possible that our counts included
at least two of them, a smaller form that must be M. rubrum and aFig. 4. Interannual distribution of D. acuta and D. acuminata cell concentration and
of their potential prey, the ciliate Mesodinium cf. rubrum, at the AV station, for the
indicated years.larger form that probably is the new species Mesodinium major,
both species are marine, pelagic and phototrophic, with a reddish-
brown color.
The available Mesodinium data at AV (Fig. 4) show that the
ciliate was present from spring to autumn during the periods
2004–2006 and 2008–2010. Mesodinium peaks often coincided
with Dinophysis acuminata maxima and both species were very
persistent, although Mesodinium normally remained after D.
acuminata disappearance. The only exception was observed in
2005, coinciding with Dinophysis acuta highest peak. Concerning D.
acuta, the maximum concentrations were not coincident but
appeared related to the peaks of Mesodinium. The initiation of the
intense blooms of D. acuta on the 1st August 2005, occurred three
weeks after the highest maximum of Mesodinium registered in the
present time-series (44  103 cells L1 on 4th July). A two week
delay was also observed in 2008, when the initiation of D. acuta
outbreaks occurred on 7 May (Annex 1), after a first moderate
concentration peak of Mesodinium (1.3  103 cells L1) on 21 April.
A subsequent D. acuta maximum, reaching 16  103 cells L1 on 14
July, was observed three weeks after the maximum of Mesodinium
(12  103 cells L1) observed on 23 June. In 2004, despite the lack
of data before May, the initiation of the first D. acuta bloom on 27
July also occurred two weeks after a maximum of Mesodinium that
reached 8.2  103 cells L1 on 12 July.
3.2.2. Time of species first detection, bloom initiation and
maintenance
The time of species detection and bloom initiation in both
stations, as well as the periods of bloom occurrence (>200 cells L1
and >103 cells L1) for the decade, is summarized in Fig. 5. The date
of the first detections within the years, for each species and
sampling station, is presented in Annex 1. Dinophysis acuminata
was normally detected earlier than Dinophysis acuta, between
January and May, in some years first in AV, others in PO, but in both
stations most detections occurred in a narrow window between
the last week of February and the last week of March. In turn, the
onset of D. acuta is marked by a large interannual variability. The
first cells in the year can be detected from the end of February andFig. 5. Julian day boxplots of D. acuminata and D. acuta events at PO and AV during
the 2004–2013 decade: (A) the first detection of the year, (B) first bloom of the year,
(C) all blooms (>200 cells L1) and (D) all high concentrated blooms
(>103 cells L1). The labels along the X axis indicate the species, ‘‘act’’ refers to
D. acuta and ‘‘acm’’ to D. acuminata, observed in stations AV and PO. The numbers
below the labels indicate the number of samples in each data subset.
Fig. 6. Cell concentrations of (A) D. acuminata and (B) D. acuta at Aveiro-AV (4) and Pontevedra-PO (&) superimposed on low-pass 10-year (2004–2013) daily mean SST (8C,
solid line)/PAR (Jm2, dashed line) and UI (m3/s/100 m, dash-dotted line) annual cycle (right axis). Large symbols indicate cell concentrations above 200 cells L1. Negative UI
values represent upwelling (horizontal dotted line indicates UI = 0). Boxplots showing the median, percentile 25% and 75% and outliers of the bloom conditions
(>200 cells L1) for each of the species: (C) PAR, (D) SST and (E) UI. The labels along the X axis indicate the species, ‘‘act’’ refers to D. acuta and ‘‘acm’’ to D. acuminata observed
in stations AV and PO. The numbers below the labels indicate the number of samples in each data subset.
Fig. 7. D. acuminata (acm) and D. acuta (act) conditions boxplots at AV and PO
stations showing 25 and 75%ile, median and outliers of: (A and B) SST (8C) and (C
and D) UI (m3/s/100 m), on the 15 days preceding blooms. Left column refers to
conditions before the 1st bloom (>200 cells L1) in the year and the right column to
conditions before the first event with a high concentration of cells (>103 cells L1).
The numbers below the labels indicate the number of samples in each data subset.
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October in both stations (Annex 1, Fig. 5A). In 2007 and 2010 no
cells of D. acuta were observed in PO. With the exception of 2011, D.
acuta was normally observed earlier in AV than in PO and twice, in
2005 and 2006, the species was detected almost simultaneously on
both stations.
Fig. 5B–D highlights the sequence of bloom events throughout
the year. Excluding 2008, the 1st events each year (Fig. 5B) began
with Dinophysis acuminata in PO (1st week of March) and
afterwards in AV, followed by Dinophysis acuta blooms in AV
(1st week of May) and afterwards in PO. Regarding D. acuminata
(Fig. 5C), the inter-quartile (25–75%ile) of all events in PO occurred
from the 1st week of May until the 3rd week of August
(123 < Jday < 235, median: 173, where Jday means Julian day).
In AV, the events were in general observed two weeks to one
month later and lasted from mid June until mid September
(168 < Jday < 254, median: 202). In PO, 50% of the high
concentrated blooms of D. acuminata were observed earlier than
the 25%ile, from the 3rd week of April until the end of July
(108 < Jday < 203, median: 147). In AV, the period is reduced, in
50% of the events, about one month (173 < Jday < 222, median:
193).
In AV, the inter-quartile of Dinophysis acuta events
(>200 cells L1) shows they occurred from the 3rd week of July
until the end of September (206 < Jday < 269, median: 206).
Highly concentrated blooms occurred during the same period with
a slight reduction in length (211 < Jday < 266) with the median in
the first week of September (Jday: 245). In PO, most events lasted
from late September until the 1st week of November
(271 < Jday < 307, median: 290) and the period of blooms with
an elevated number of cells was shorter (278 < Jday < 297,
median: 287).
3.3. Dinophysis distribution and physical conditions
In Fig. 6A and B all the occurrences in AV and PO of each species
together with the averaged variations of SST, PAR and UI are
represented. Dinophysis acuminata blooms, occurring earlier in theyear than Dinophysis acuta, appear to be more related to the annual
cycle of PAR than the blooms of D. acuta which are more associated
with the average annual SST cycle. Fig. 6C shows that most
(25–75%ile) D. acuminata blooms occur in the PAR range of
6.0–9.4  105 Jm2 in PO and 7.8–10.8  105 Jm2 in AV), although
the different medians observed for AV and PO indicate that PAR is
closely related to the time of the year the blooms occur in each of
the sites. In turn, D. acuta blooms occur within distinct PAR ranges
at AV (9.6  105 Jm2) and PO (8.0  105 Jm2) and are therefore
not related to PAR.
In relation to temperature (Fig. 6D) Dinophysis acuta events in
AV, and the first high intensity events in PO (Fig. 7C) were found
around the same SST median (17 8C), although subsequent blooms
in PO occur under lower temperatures (Fig. 6D, median around
16 8C) because they occur later in autumn. Most Dinophysis
Table 1
Selected initial (ini) and final (fin) conditions for the prediction exercise of the first
D. acuminata and D. acuta bloom of the year in AV and PO. Conditions: JDay (julian
day), SST (8C) and upwelling index – UI (m3/s/100 m).
Sp/site JDay_ini JDay_fin SST_ini SST_fin UI_ini UI_fin
D. acum/PO 69 198 12.6 16.1 753 87
D. acum/AV 82 254 13.9 17.3 575 336
D. acut/AV 146 281 16.6 18.1 601 16
D. acut/PO 232 280 16.7 17.8 929 6
M.T. Moita et al. / Harmful Algae 53 (2016) 17–3224acuminata blooms in PO occur in a different temperature range
than in AV. The number of D. acuminata blooms with elevated
concentrations seem to decrease during the maximum intensity of
upwelling (i.e. Fig. 6A, around Jday 190–230), while blooms of D.
acuta typically occur at the end of the upwelling season when the
frequency and intensity of the convergence episodes increase.
Fig. 6E highlights that most blooms of D. acuminata in both stations
and D. acuta in AV develop under mild upwelling conditions
although in PO they are favored by downwelling conditions.
3.3.1. Conditions for first bloom initiation and intensification
The first annual blooms of Dinophysis acuminata initiate within
a wide SST range (138–178), mostly below 13 8C at PO and 15 8C at
AV (see median in Fig. 7A). However an increase of 2 8C is
apparently needed before the development of events with a high
concentration of cells, which indicates the temperature conditions
favoring the species growth or an accumulation of nearshore cells
due to coastal convergence conditions. On the contrary, both the
initiation of blooms or the development of elevated concentration
of Dinophysis acuta cells occur between 16 8C and 18 8C with the
median of all events in AV or PO around 17 8C.
Regarding the upwelling conditions (Fig. 7B and D), each year
outbreaks of both species initiated after mild upwelling conditions,
although the first intense events of Dinophysis acuminata in AV
require stronger upwelling winds while those events of Dinophysis
acuta in PO occurred after downwelling conditions (Fig. 7D), as
mentioned above.Table 2
Prediction of Dinophysis events at PO and AV, with indication of the n8 of days before (
respectively preceded by ‘‘B:’’ or ‘‘P:’’. The code ‘‘no pred’’ marks that the exercise successf
the absence of blooms that in reality occurred at the indicated dates.3.3.2. Oceanographic conditions for the 1st bloom of the year
The results presented in the previous sections show that the
first blooms (>200 cells L1) of the year occur under a relatively
wide range of oceanographic and meteorological conditions. In
addition, the disappearance of Dinophysis acuta blooms for several
years suggest that abnormal conditions lead to major changes in
the geographical location of the population cores. To further
explore the sources of interannual bloom initiation variability, an
elementary exercise to predict the 1st bloom event, for each
species/station, was carried out using the above results. It also
allows identification of possible routes to establish capacities for
forecasting Dinophysis events off NW Iberia. The prediction
exercise was performed by identifying the simultaneous occur-
rence of the following conditions, whose data are presented in
Table 1:
i) Jday between 25%ile and maximum;
ii) SST and UI between 25 and 75%ile;
iii) existence of Dinophysis cells in water samples during the two
previous weeks.
Table 2 shows that in a total of 37 cases, the simple use of the
overlapping conditions predicted in 16 cases (43%) the appear-
ance/lack of blooms in the week before or the same week of their
actual detection/absence (i.e. 14 < n8 days < 5 and prediction of
no blooms), a time lag considered effective for early warning of an
eventual shellfish ban. The analysis also predicted 3 false positives
of Dinophysis acuta in AV.
One half of the Dinophysis acuminata blooms in PO could also be
anticipated with a delay of one to two weeks. The results of the
exercise also showed that D. acuminata outbreaks are the less
predictable using a simple parameter range intersection, especially
in AV and in particular years such as 2006, 2010 (both at AV and
PO) and in 2011. These results underpin the hypothesis that
advective effects, not taken into account in this exercise, are at
least equally important as the local conditions to predict
Dinophysis outbreaks.-) or after (+) the observed date of bloom initiation. Bloom or prediction dates are
ully predicts the absence of blooms, and ‘‘pred no’’ marks that the exercise predicted
Fig. 8. Ten-year monthly mean surface currents (0–30 m) off NW Iberia (left column, July-top to October-bottom) and monthly surface current anomalies for selected years
relative to the 10-year mean. Shaded areas correspond to absolute NS currents/anomalies higher than 0.05 m s1. Poleward and equatorward NS currents/anomalies are
indicated by vector directions.
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sampling sites
To explore the role of the oceanic circulation on bloom
dynamics and the species advection between the two monitoring
sites, two approaches were developed based on different time
scales. Firstly, monthly anomalies of surface (0–30 m) currents
relative to the 10-year mean were computed to investigate if the
circulation structures were favorable to the alongshore or cross-
shore transport and to highlight the role of particular features, such
as counterflows, inshore currents or upwelling filaments. Secondly,
event-scale numerical experiments were carried out using aFig. 9. Lagrangian model results for 4 bloom events showing (A and B) two poleward (de
experiments with different vertical advection constraints: (A–D) the vertical movement i
(E and F) the vertical movement is constrained so that the particles are maintained with
after deployment: one (O), two (+) and three (^) weeks. Squares at PO (A and B) and Lagrangian transport model to test if the time lag between the
bloom detection at the two monitoring sites can be explained by
advective processes.
The monthly anomalies for selected years (2005, 2006, 2008,
2013) and months (July–October) are presented in Fig. 8, together
with the 10-year mean of monthly currents, to draw attention to
years/months when the greatest Dinophysis acuta blooms occurred
and when the circulation features appeared to exert a significant
impact on those blooms. The decadal monthly means (Fig. 8, left)
clearly illustrate that circulation in the upper 30 m is more intense
over the shelf in July and August, with a strong equatorward jet
over the narrower shelf north of 41.28 N, becoming less intense andployment at AV) and (C–F) two equatorward (deployment at PO) particle transport
s unconstrained and the particles are advected according to the 3D circulation field;
in the initial (7.5–12.5 m) depth range. Symbols represent weekly particle positions
AV (C–F) indicate target area.
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poleward current establishes over the slope and the inner-shelf. It
is also worth noting the flow branching at the Aveiro canyon
(40.68 N) where the shelf widens, creating a relatively small area
south of the canyon (40.4–40.68 N) where the currents are high
over the slope and the inner shelf, with a relative minimum at mid-
shelf.
The monthly anomalies show the strong interannual variability
of the surface currents. This is particularly noticeable in October
when the generally weak inner-shelf poleward current was much
more intense and covered the whole shelf in 2013, being also
strong in 2006 but restricted to depths shallower than 100 m. This
pattern is totally reversed in 2008 when the out-of-season strong
upwelling winds drove intense equatorward currents over the
entire shelf. The results also show the frequent occurrence of
opposite current anomalies in the outer-shelf south of the Porto
Canyon at 41.68 N, specially in July–August 2005, September 2006
and July 2008.
Lagrangian particle model experiments are presented in Fig. 9.
The events were selected based on the observation of a clear time
lag between the bloom occurrence at AV and PO monitoring sites.
Two events correspond to the poleward advection of Dinophysis
acuta blooms as inferred from the observation of high cell
concentrations, first at AV and 3 weeks later at PO (2005, 2013),
and two cases correspond to the equatorward advection of
Dinophysis acuminata blooms that were first recorded at PO and
3 weeks later at AV (2006, 2008). Several experiments were
carried out using different initial particle locations and vertical
positions. In general, a higher sensitivity of model solutions was
observed with respect to the vertical particle distribution during
southward/active upwelling (northerly wind) periods. To illus-
trate this effect, two solutions for the 2006 and 2008 D. acuminataTable 3
Annual location of D. acuta blooms epicenter (Epic) and maximum (Max) at NW Portubloom advection patterns are shown in Fig. 9. In the first case the
particles are deployed at depths between 7.5 m and 12.5 m and
are advected according the 3D circulation field (Fig. 9C and E). In
the second case the particles were deployed at the same initial
locations and depths but their vertical movement is constrained
so that they are maintained within the same (7.5–12.5 m) depth
range (Fig. 9D and F).
As expected in a region where the circulation is mainly driven
by coastal upwelling, the trajectory patterns are very distinct
during contrasting wind forcing phases. In the two downwelling/
poleward events, the Dinophysis acuta cells are transported mainly
over the inner-shelf and the particles tend to have similar
trajectories and converge to shallower depths (Fig. 9A and B).
On the contrary, during the active upwelling phase the trajectories
are more disparate and divergent while the particles are advected
equatorward and offshore (Fig. 9C and D). The results with no
vertical distribution constraint show that it is very unlikely that
Dinophysis acuminata blooms at AV might result from inocula
advected from PO. However, when the vertical particle movement
is constrained so that they are maintained within a 5 m layer
centered at 10 m, some particles follow trajectories close to the
coast and arrive at AV with a travel time that is compatible with the
observed time lag between the bloom detection at PO and AV
(Fig. 9E and F).
3.5. Interannual change of Dinophysis acuta epicenter and maxima
at the NW coast of Portugal
As described above, Dinophysis acuta blooms were not observed
in PO from 2007 to 2012, and almost disappeared in AV from 2009
to 2012, where only a single peak of one week was observed in
2010. Despite a possible lack of the necessary conditions forgal.
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changed its center of distribution to a location further south in the
Portuguese coast. In Table 3 it is confirmed that, with the exception
of 2010 when only a short event on the 1st week of September
occurred in AV area, D. acuta bloom initiation and maxima moved
southwards until 2013, with substantial blooms reaching
6  103 cells L1 in Lisbon Bay in August 2012. In 2014, D. acuta
bloom initiation and maxima occurred again in AV.
4. Discussion and conclusions
4.1. Dinophysis distribution in the water column and relationship
with Mesodinium
Although Dinophysis populations off Iberia and elsewhere are
related to stratification conditions (GEOHAB, 2008), stratification
itself depends on different factors. Also, each of the species shows
preferences on their position in the stratified water column that
have consequences on their transport cross-shelf and alongshore
as discussed below in Section 4.4.
On the NW Iberian shelf Dinophysis acuminata and Dinophysis
acuta are distributed on the wind driven layer and reflect the
oscillations of its base (Moita and Silva, 2001). However, D.
acuminata appears to depend more on light availability since the
maxima are generally observed closer to the surface than those of
D. acuta normally found in the top of the pycnocline (Reguera et al.,
1993; Palma et al., 1998; Velo-Sua´rez et al., 2009). Both species
were found to concentrate in thin layers, D. acuminata in surface
warm water patches at 0–4 m depth in Rı´a de Pontevedra (Velo-
Sua´rez et al., 2008) and D. acuta at 18–20 m in the coast off F.Foz
(Moita et al., 2006). There is also evidence that in Rı´a de Vigo D.
acuminata undertake diel migrations between the surface and
10 m depth (Villarin˜o et al., 1995), actively exploiting high levels of
irradiance during the day and having access to higher nutrients
concentration during the night. Curiously Mesodinium rubrum, not
known at the time to be prey for Dinophysis, was part of the same
assemblage and characterized by a similar vertical migration
behavior.
Velo-Sua´rez et al. (2014) highlighted, for the first time in Iberian
waters, the relationship between Dinophysis acuminata bloom
initiation and maintenance with the presence of Mesodinium
rubrum in Rı´a de Pontevedra, although they also reported that
there is no single mechanism that accounts for all the stages of a
bloom. Our results show that, in Aveiro waters, D. acuminata and
Mesodinium almost always co-occurred during six years of study
but the initiation of D. acuminata blooms are not immediately
related to the prey occurrence since the ciliate generally occurs
much earlier every year (e.g. 2010, Fig. 4). However, that
dependency may occur further north in PO, as observed in 2007
by Velo-Sua´rez et al. (2014), when the blooms initiate earlier than
in AV and before their possible advection southwards. Regarding
Dinophysis acuta, the higher peaks occurred 2–3 weeks after those
of Mesodinium adding further evidence of a relationship between
the species at AV, but also that their growth is favored by similar
environmental conditions. Nevertheless, the lack of D. acuta
blooms in 2009 and 2010 did not correspond to the absence of
the ciliate.
Previous field studies on the time-lagged correlations between
Mesodinium and Dinophysis show quite variable results, 7 days in
the case of Mesodinium rubrum and Dinophysis acuminata in Korean
waters (Yih et al., 2013). Lags from 0 to 60 days between
Mesodinium and Dinophysis ovum and evidence that in some years
no predator-prey relationship existed between the two organisms
were also reported in the Gulf of Mexico, under conditions similar
to temperate waters and cultures (Harred and Campbell, 2014).
Future studies off Iberia should include the separation of thedifferent Mesodinium species in monitoring counts as well as a
more detailed study of prey-predator relationships, including the
delay in bloom initiation at different latitudes.
4.2. Interannual variability of Dinophysis blooms and development of
anomalous conditions
As observed in previous decades off Iberia (Reguera et al., 1995;
Palma et al., 1998; Pazos et al., 1995), in this study (2004–2013)
Dinophysis species exhibited a great interannual variability,
characterized by years dominated by one of the species, or years
when both species occurred simultaneously. The present study
showed how meteorological anomalies are important in deter-
mining each year’s dynamics of Iberian Dinophysis events.
Contrasting climatological conditions were highlighted by
Escalera et al. (2006) for the selection of Dinophysis acuta and
Dinophysis acuminata in Rı´a de Vigo in previous years, namely
thermohaline stratification combined with persistent upwelling
conditions favored D. acuminata in 2002, while a very hot summer
with the lowest UI of the past 50 years favored D. acuta in late
summer 2003. The present work shows that these findings become
more complex when we join several years. In 2005, for example,
when D. acuta showed an historical maximum in 30 years of
monitoring at the Aveiro coast, despite this being a very dry year
(Fig. 2A, dashed line) with high air temperature anomalies over the
mainland (see http://www.ipma.pt/pt/oclima/monitorizacao/
index.jsp?selTipo=m&selVar=tx&selAna=an&selAno=2005), SST
only showed small positive anomalies on that coast during
summer, as highlighted by EOF3 (Fig. 2C). In fact, there was a
persistency of upwelling favorable winds, higher than in other
years with lower blooms, for example 2004 and 2006 (Fig. 2A, thick
line). The D. acuta bloom season of 2005 in NW Iberia was
discussed by Escalera et al. (2010) who suggested that the sudden
occurrence of outbreaks in Ria de Vigo was due to an alongshore
transport of southern populations. Fig. 8 also shows that, in that
year, the outer-shelf off AV was occupied by a poleward flow
bounded by two southward upwelled water branches: one
occupying the inner-shelf and another over the slope. The
recirculation between the coastal flow and the mid-shelf may
have acted as a pool for D. acuta growth during August and
September in Aveiro. It is likely that D. acuta blooms were
concentrated and distributed in the pycnocline in that pool as
observed in 2003 (Moita et al., 2006), and were introduced
inshorewards in AV station by the upwelled waters.
The atypical predominance of upwelling winds during winter
and positive SST anomalies were suggested by Dı´az et al. (2013) to
favor the early detection of cells and initiation of Dinophysis
acuminata blooms in PO, in 2002 and 2012. Our results confirm
these findings but indicate that very high river discharges before
the winter upwelling events, as observed in 2010 and 2011,
remove the species from the coastal area and delay the initiation of
blooms, despite their early detection. This proposed impact of
anomalous runoff does not contradict several works that showed
the importance of haline stratification associated with river
plumes in the dynamics of D. acuminata blooms (Dı´az et al.,
2013; Peperzak et al., 1996; Velo-Sua´rez et al., 2010), a relationship
also detected in southern Portugal when D. acuminata intense
blooms (7  104 cells L1) appeared related to the Guadiana river
plume in January 1998 (unpublished monitoring data from IPMA).
The most severe meteorological anomalies observed during the
decade were, however, associated with the intensification of
upwelling favorable winds in 2007 and 2008 that have disturbed
the normal onset and development of Dinophysis blooms in the two
areas. The very intense upwelling conditions observed in 2007
during the whole spring and summer (Fig. 2A, thick line) seem to
have had important consequences on the availability of sufficient
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following seven years in PO, conditions which only re-appeared in
2013. That anomaly also delayed the 1st bloom of D. acuta in AV
until October 2007, and there were no conditions for its growth or
advection into PO. In 2008, similar consequences occurred in AV
after the whole autumn 2008 characterized by anomalous intense
upwelling winds and southward currents (Figs. 2 and 8) instead of
the typical downwelling events. The strong equatorward and
offshore currents seemed to have swept D. acuta blooms from the
AV system until 2013, despite a small one-week outbreak observed
in 2010 (Table 3). In those years, D. acuta populations were present
in the system but were not able to reach a threshold concentration
for bloom initiation. The blooms reappeared in 2013, after an
anomalous year without upwelling during all summer, and with
the highest positive SST anomaly in the AV area (Fig. 2C, arrow 9).
In October there were conditions for their poleward transport from
AV into the Galician Rı´as (Fig. 9B).
4.3. Bloom initiation and prediction
Dinophysis outbreaks were observed from mid February
(Dinophysis acuminata in 2008, AV) until mid December (Dino-
physis acuta in 2005, PO), a time window slightly wider than that
observed in previous decades off the NW Iberian, French and Irish
coasts (Pazos et al., 2005; Xie et al., 2007; Raine, 2014).
Unexpectedly, the temporal window of each of the two species
was more similar with their distribution in Flødevigen Bay, on the
Skagerrak coast of Norway (Cembella et al., 2005), with D.
acuminata blooms extended in time, and D. acuta events that
mainly developed during the second half of the year.
The different behavior of the NW Iberia populations of
Dinophysis acuminata and Dinophysis acuta, both in space and
time, strongly suggests that the development of predictive tools
must consider the species independently, so the approach followed
by Singh et al. (2014), where all Dinophysis species are considered
together, is not appropriate for NW Iberia. We also were not yet
able to determine temporal relationships with the presence of its
prey, Mesodinium rubrum.
In this work, we used a combination of simple overlapping
conditions of readily accessible variables, like SST and UI, together
with the knowledge of the periods most favorable for bloom
initiation, to learn how far such an elementary approach could be
used to predict the first bloom events each year. Reasonable results
(Table 2) were obtained in anticipating the first Dinophysis
acuminata events in PO and with Dinophysis acuta in AV, curiously
the areas considered to be the distribution centers of the species.
From 2007 until 2012, the nonexistence of D. acuta blooms in PO
was also predicted just because we imposed the condition that the
presence of cells is required before bloom initiation. The blooms
were not anticipated in two cases, 2007 (Dinophysis acuminata in
PO) and 2013, (Dinophysis acuta in PO) apparently for the same
reason. The blooms initiated too rapidly suggesting the popula-
tions could have grown elsewhere and were advected to the area.
This hypothesis is consistent with lagrangian model results for
2013 when D. acuta blooms were most likely transported from AV
into PO. In 2007, the first outbreak of D. acuminata in the Rı´a de
Pontevedra (only in mid June, during an upwelling-relaxation
event) was well discussed by Velo-Sua´rez et al. (2014) and
appeared to be triggered by heterotrophic feeding concomitant
with the first peak in the season of Mesodinium cf. rubrum. Our
results further suggest that the reported delay on the development
of Mesodinium in 2007 was due to the observed anomaly related to
high persistent and intense upwelling winds.
Bloom initiation of both species was predicted too early in 2010.
In that year river runoff was the highest of the series during the
interquartile period of bloom initiation and we can conclude therewere no conditions for the species growth. A similar reason can be
evoked for the delay in Dinophysis acuminata initiation at AV in
2011. Salinity is therefore a variable that should be introduced in
future exercises. In the case of the early prediction of D. acuminata
in 2006, we were not able to have an explanation based on the
available data, including the presence of Mesodinium cells in
station AV.
4.4. Bloom connectivity between PO and AV
Previous studies have presented evidence of a northward
transport of HABs in the NW shelf (Sordo et al., 2001; Escalera et al.,
2010; Pitcher et al., 2010). However it can also be argued that this
apparent transport reflects poleward changes in the conditions
favoring these species rather than an effective poleward cell
advection (Pitcher et al., 2010), or that downwelling is the
oceanographic process that triggers a positive selection and
sudden dominance of autochthonous populations of dinoflagel-
lates in the Galician Rı´as Baixas in autumn (Crespo et al., 2006). The
model solutions shown here for Dinophysis acuta transport from AV
to PO, in late October 2005, support Escalera et al. (2010)
suggestions that the cell increase in Rı´a de Vigo, in the absence
of cellular division, was due to an alongshore transport from the
coast of Portugal. In the same way, in October 2013, the sudden
outbreak of D. acuta in PO, after a complete absence of cells during
the whole year, can be explained by the bloom transport from the
AV region as demonstrated by the model. These events, which
originated sudden bans in Galician mussels harvesting showed
how important will be to keep weekly exchange of information and
early warning between monitoring programs of neighboring
countries.
The connectivity between AV and PO in respect of the poleward
transport of Dinophysis acuta is more complex when dealing with
the southward transport of Dinophysis acuminata from PO to AV.
The selected examples were developed during active upwelling
periods, when transport is offshore and southwards. The first
studies on coast-wide connectivity patterns off W Iberia were
carried out to investigate the common shore crab Carcinus maenas
recruitment on western Iberia coast (Nolasco et al., 2013a,b,
following Carr et al., 2007), and that expertise was applied in the
present work. The connectivity between PO and AV was
demonstrated to be possible if tracking particles were forced to
stay in a 5 m layer at 10 m depth (2.5 m). This way some particles
remain close to the coast and travel southward reaching AV. This
result can be applied to D. acuminata if the species has an active
behavior in the water column maintaining its vertical distribution at a
given depth. Its trophic relationship with Mesodinium rubrum, an
active phototrophic swimmer well known as capable to have diel
vertical migrations (Crawford and Lindholm, 1997), reinforces that
possibility. The evidence of D. acuminata and M. rubrum diel
migrations between 10 m and the surface was already observed in
Rı´a de Vigo (Villarin˜o et al., 1995) and encourage further studies on
the Dinophysis position in the water column along the Diel cycle and
on the different transport pathways according to different vertical
migration scenarios.
4.5. Latitudinal changes in Dinophysis acuta epicenter
The observed changes of the upwelling patterns that occurred
in spring/summer 2007 (persistency of very intense upwelling)
and in autumn 2008 (intense autumn upwelling instead of
downwelling) resulted in important latitudinal shifts of the
Dinophysis epicenters off NW Iberia. Those abnormal upwelling
conditions changed the Dinophysis acuminata bloom pattern in
2007 and 2008 by moving from PO into AV the bloom initiation and
maxima. The bloom epicenter was re-established in PO only in
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Firstly, the changes in the upwelling patterns interrupted for seven
years the blooms or even the species detection (e.g. 2007 and 2010)
in PO. They also shifted the species epicenter, located until 2008 on
the coast of Aveiro-F.Foz, to more than 200 km southwards, leading
to unexpected intense blooms that initiated and spread from
Lisbon Bay in 2012 and 2013. In 2013, an year characterized by the
lack of upwelling and, consequently, by the intensification of
poleward coastal currents, the blooms initiated in Lisbon in July,
reaching AV in September and PO in October. After this exceptional
year, D. acuta outbreaks anchored again in AV where the initiation
and maxima were observed in 2014. Changes in the epicenter of
Dinophysis species were also reported in the North sea associated
with a change in wind patterns in a larger temporal scale than our
study. Edwards et al. (2006) used CPR data to describe that, over
the last four decades, the Dinophysis epicenter (referred to as center
of distribution) in the North Sea has moved eastwards toward the
coast of Norway in association with the establishment of
predominant southerly winds. In the W coasts of Ireland, Shetland
islands, and France changes in wind patterns, in particular periods
dominated by westerly winds instead of the usual southerlies, gave
rise to rapid Dinophysis increases inside the bays or in other areas of
the coast (Raine, 2014; Whyte et al., 2014; Batifoulier et al., 2012;
Dı´az et al., 2013), although changes in the distribution centers of
Dinophysis were not discussed.
The present work used 10 years of two toxic Dinophysis species
observations in two selected stations of NW Iberia and was able to
highlight not only their seasonal variability but also the
interannual variability of the upwelling intensity, runoff and SST
patterns with emphasis on particular meteorological and oceano-
graphic anomalies that were related with pronounced changes on
the location and timing of bloom initiation and intensity. Future
works should focus on improving the knowledge of the origin of
the inoculum populations on the shelf and if they are related to
Dinophysis populations that develop during winter in semi-
enclosed coastal lagoons along the Portuguese coast, namely the
Lagoa de O´bidos (Pereira et al., 2012) and Lagoa de Albufeira in
Lisbon bay (Coutinho, pers. comm.).Further studies on the relationship of the two Dinophysis
species with their prey Mesodinium rubrum are also needed.
Despite the observations that Dinophysis blooms usually occur
after the Mesodinium blooms, it was still not possible to establish a
direct link, partly due to the insufficient identification of the
Mesodinium species (and possibly other ciliates) in Iberia waters.
Such studies will help to clarify if they can be used as a predictors of
Dinophysis blooms off Iberia. A better knowledge of the vertical
position of both prey and predator vertical and diel migration in
the water column will also be indispensable to appropriate
simulations of the alongshore transport of blooms and connectivity
between adjacent regions.
The changes in the Dinophysis acuta epicenter reported here
could be identified because they were mainly observed along the
Portuguese coast. Similar studies focused on Dinophysis acuminata
will need a join effort to combine the results from the HAB
monitoring programs of Portugal and Galicia in order to cover the
whole NW Iberian coasts.
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Annex 1. Interannual variability of dates of the first, last occurrence and bloom initiation of Dinophysis acuminata and Dinophysis acuta, and of dates and concentration of each
species maxima
Years Dinophysis acuminata Dinophysis acuta
Aveiro – AV Pontevedra – PO Aveiro – AV Pontevedra – PO
1st
occurr.
Date of
bloom
initiation
>200 cells/L
Date of
maxima
Maxima
cells/L
Last
occur.
1st
occur.
Date of
bloom
initiation
>200 cells/L
Date of
maxima
Maxima
cells/L
Last
occur.
1st
occur.
Date of
bloom
initiation
>200 cells/L
Date of
maxima
Maxima
cells/L
Last
occur.
1st
occur.
Date of
bloom
initiation
>200 cells/L
Date of
maxima
Maxima
cells/L
Last
occur.
1st sampling on 18 May 2004 1st sampling on 18 May 2004
2004 N/A N/A 31-May 1080 04-Oct N/A N/A 9-Aug 680 08-Nov 31-May 19-Jul 27-Jul 1880 – – 0
PO with several peaks of 600
cells
30-Aug 30-Aug 1960 13-Dec 30-Aug 07-Sep 7-Sep 1200 20-Dec
2005 28-Mar 28-Mar 8-Apr 880 21-Mar 21-Mar 4-Apr 2880 08-Apr 1-Aug 22-Aug 13920 04-Apr 17-Aug 17-Aug 960
19-Sep 19-Sep 880 31-Oct 13-Jun 13-Jun 2120 07-Nov 5-Sepa 19-Sep 87160
17-Oct 14160 05-Dec 17-Oct 7-Nov 17560 19-Dec
2006 03-April – 25-Jul 80 15-May 17-Jul 01-Aug 1880 17-Apr 29-May 26-Jun 1360 24-Apr – – 0
11-Sep 11-Sep 1080 26-Sep 21-Aug 21-Aug 2160 20-Nov 21-Aug 18-Sep 1200 20-Nov 05-Sep 02-Oct 3000 30-Oct
2007 19-Feb 05-Jun 18-Jun 1480 13-Mar 18-Jun 18-Jun 2240 01-Oct 08-Oct 15-Oct 1520 11-Dec – – – 0 –
23-Jul 07-Aug 9360 20-Nov 17-Sep 17-Sep 1000 17-Dec
2008 22-Jan 11-Feb 11-Feb 280 27-Feb 12-May 26-May 2960 26-Feb 07-May 14-Jul 16240 17-Mar – 17-Mar 80 23-Jun
30-Jun 14-Jul 3600 21-Oct 01-Sep 01-Sep 1160 10-Nov 28-Jul 06-Aug 2080 28-Oct
2009 06-Apr 14-May 14-May 1720 06-Jul 02-Mar 16-Mar 29-Jun 3000 30-Nov 04-May – 04-May 160 01-Jun – 01-Jun 80
– 08-Oct 40 12-Nov – 26-Oct 80 26-Oct
2010 26-Mar 01-Jun 05-Jul 1900 22-Mar 07-Jun 12-Jul 27440 01-Jun 06-Sep 06-Sep 500 21-Sep – – – 0 –
06-Sep 21-Sep 280 20-Oct 23-Aug 30-Aug 1760 13-Dec
2011 28-Mar 11-Jul 11-Jul 260 21-Feb 29-Mar 09-May 1520 01-Aug – 01-Aug 150 17-Oct 06-Jun – 06-Jun 160 04-Jul
29-Aug 460 28-Nov 08-Aug 29-Aug 5200
17-Oct 31-Oct 1520 21-Nov
2012 1st sampling on 30 May 28-Feb 05-Mar 02-Apr 14640 1st sampling on 30 May 06-Aug – 06-Aug 80 06-Aug
N/A N/A 04-June 480 09-Oct 21-May 11-June 1240 09-Oct 03-Jul – 03-Jul 140 01-Oct
2013 25-Mar 02-Apr 15-Apr 340 12-Feb 25-Mar 09-Apr 5880 15-Apr 09-Sep 17-Sep 4640 16-Dec 07-Oct 07-Oct 07-Oct 5000 16-Dec
16-Jul 17-Sep 900 16-Dec 08-Jul 15-Jul 4280
7-Oct 7-Oct 3320 16-Dec
N/A – not applicable since sampling was considered to late for the species.
a Date of a minimum (>200 cells/L) before another peak.
M
.T
.
 M
o
ita
 et
 a
l.
 /
 H
a
rm
fu
l
 A
lg
a
e
 5
3
 (2
0
1
6
)
 1
7
–
3
2
 
3
1
M.T. Moita et al. / Harmful Algae 53 (2016) 17–3232References
Batifoulier, F., Lazure, P., Velo-Sua´rez, L., Maurer, D., Bonneton, P., Charria, G., Dupuy,
C., Gentien, P., 2012. Distribution of Dinophysis species in the Bay of Biscay and
possible transport pathways to Arcachon Bay. J. Mar. Syst. 109–110, S273–S283.
Bakun, A., 1973. Coastal Upwelling Indices, West Coast of North America 1946–
1971. NOAA Tech. Rept. NMFS SSRF-671, pp. 103.
Carr, S.D., Capet, X.J., McWilliams, J.C., Pennington, J.T., Chavez, F.P., 2007. The
influence of diel vertical migration on zooplankton transport and recruitment in
an upwelling region: estimates from a coupled behavioral-physical model. Fish
Oceanogr. 17, 1–15.
Cembella, A.D., Ibarra, D.A., Dioge`ne, J., Dahl, E., 2005. Harmful algal blooms and their
assessment in fjords and coastal embayments. Oceanography 18, 158–171.
Crawford, D.W., Lindholm, T., 1997. Some observations on vertical distribution and
migration of the phototrophic ciliate Mesodinium rubrum (=Myrionecta rubra) in
a stratified brackish inlet. Aquat. Microb. Ecol. 13, 267–274.
Crespo, B.G., Figueiras, F.G., Porras, P., Teixeira, I.G., 2006. Downwelling and domi-
nance of autochthonous dinoflagellates in the NW Iberian margin the example
of the Rı´a de Vigo. Harmful Algae 5, 770–781.
Delmas, D., Herbland, A., Maestrini, S.Y., 1992. Environmental conditions which lead
to increase in cell density of the toxic dinoflagellates Dinophysis spp. in nutrient-
rich and nutrient-poor waters of the French Atlantic coast. Mar. Ecol. Progr. Ser.
89, 53–61.
Dı´az, P.A., Reguera, B., Ruiz-Villarreal, M., Pazos, Y., Velo-Sua´rez, L., Berger, H.,
Sourisseau, M., 2013. Climate variability and oceanographic settings associated
with interannual variability in the initiation of Dinophysis acuminata blooms.
Mar. Drugs 11, 2964–2981.
Edwards, M., Johns, D., Leterme, S., Svendsen, E., Richardson, A., 2006. Regional
climate change and harmful algal blooms in the northeast Atlantic. Limnol.
Oceanogr. 51 (2), 820–829.
Escalera, L., Reguera, B., Pazos, Y., Moron˜o, A., Cabanas, J.M., 2006. Are different
species of Dinophysis selected by climatological conditions? Afr. J. Mar. Sci. 28,
283–288.
Escalera, L., Reguera, B., Moita, M.T., Pazos, Y., Cerejo, M., Cabanas, J.M., Ruiz-
Villarreal, M., 2010. Bloom dynamics of Dinophysis acuta in an upwelling
system: in situ growth versus transport. Harmful Algae 9, 312–322.
Figueiras, F.G., Labarta, U., Reiriz, M.J.F., 2002. Coastal upwelling, primary produc-
tion and mussel growth in the Rı´as Baixas of Galicia. Dev. Hydrobiol. 167, 121–
131.
Fiu´za, A., Macedo, M.E., Guerreiro, M.R., 1982. Climatological space and time
variation of the Portuguese coastal upwelling. Oceanol. Acta 5, 31–40.
Frouin, R., Fiu´za, A.F.G., Ambar, I., Boyd, T.J., 1990. Observations of a poleward
surface current off the coast of Portugal and Spain during winter. J. Geophys.
Res. 95, 679–691.
Garcia-Cuetos, L., Moestrup, Ø., Hansen, P.J., 2012. Studies on the genus Mesodi-
nium II. Ultrastructural and molecular investigations of five marine species help
clarifying the taxonomy. J. Eukaryot. Microbiol. 59, 374–400.
GEOHAB, 2005. In: Pitcher, G., Moita, M.T., Figueiras, F., Kudela, R., Probyn, T.,
Trainer, V. (Eds.), Global Ecology and Oceanography of Harmful Algal Blooms,
GEOHAB Core Research Project: HABs in Upwelling Systems. SCOR and IOC,
Baltimore and Paris, p. 88.
GEOHAB, 2008. In: Gentien, P., Reguera, B., Yamazaki, H., Fernand, L., Berdalet, E.,
Raine, R. (Eds.), Global Ecology and Oceanography of Harmful Algal Blooms,
GEOHAB Core Research Project: HABs in Stratified Systems. IOC and SCOR, Paris,
France, and Newark, Delaware, USA, p. 59.
Hankin, S., Harrison, D.E., Osborne, J., Davison, J., O’Brien, K., 1996. A strategy and a
tool ferret, for closely integrated visualization and analysis. J. Vis. Comput.
Anim. 7, 149–157.
Harred, L.B., Campbell, L., 2014. Predicting harmful algal blooms: a case study with
Dinophysis ovum in the Gulf of Mexico. J. Plankton Res. 36, 1434–1445.
Kim, S., Kang, Y.G., Yih, W., Coats, D.W., Park, M.G., 2008. Growth and grazing
responses of the mixotrophic dinoflagellate Dinophysis acuminata as functions
of light intensity and prey concentration. Aquat. Microb. Ecol. 51, 301–310.
Haynes, R., Barton, E.D., 1990. A poleward flow along the Atlantic coast of the Iberian
Peninsula. J. Geophys. Res. 95, 11425–11441.
Moita, M.T., Silva, A.J., 2001. Dynamics of Dinophysis acuta, D. acuminata, D. tripos
and Gymnodinium catenatum during an upwelling event off the Northwest coast
of Portugal. In: Hallegraeff, G.M., Blackburn, S.I., Bolch, C.J., Lewis, R.J. (Eds.),
harmful algal blooms 2000. IOC of UNESCO, pp. 169–172.
Moita, M.T., Sobrinho-Gonc¸alves, L., Oliveira, P.B., Palma, S., Falca˜o, M., 2006. A
bloom of Dinophysis acuta in a thin layer off NW Portugal. Afr. J. Mar. Sci. 28,
265–269.
Nolasco, R., Dubert, J., Domingues, C.P., Cordeiro Pires, A., Queiroga, H., 2013a. Model-
derived connectivity patterns along the western Iberian Peninsula: asymmetrical
larval flow and source-sink cell. Mar. Ecol. Prog. Ser. 485, 123–142.
Nolasco, R., Cordeiro-Pires, A., Cordeiro, N., Le Cann, B., Dubert, J., 2013b. A high-
resolution modeling study of the Western Iberian Margin mean and seasonal
upper ocean circulation. Ocean Dyn. 63 (9–10), 1041–1062.
Oliveira, P.B., Nolasco, R., Dubert, J., Moita, M.T., Peliz, A., 2009. Surface temperature,
chlorophyll and advection patterns during a summer upwelling event off
central Portugal. Cont. Shelf Res. 29 (5–6), 759–774.Palma, A.S., Vilarinho, M.G., Moita, M.T., 1998. Interannual trends in the longshore
variation of Dinophysis off Portuguese coast. In: Reguera, B., Blanco, J., Ferna´n-
dez, M.L., Wyatt, T. (Eds.), Harmful Algae. Xunta de Galicia and IOC of UNESCO
Publishers, pp. 124–127.
Pazos, Y., Figueiras, F.G., Alvarez Salgado, X.A., Ro´son, G., 1995. Hydrographic
situations and species associated with the appearance of Dinophysis acuta
and their probable cysts in Rı´a de Arousa. In: Lassus, P., Arzul, G., Erard-Le
Denn, E., Gentien, P., Marcaillou-Le Baut, C. (Eds.), Harmful Marine Algal
Blooms. Lavoisier Publishing, Paris, pp. 651–656.
Pazos, Y., Moron˜o, A., Maneiro, J., Escalera, L., Reguera, B., 2005. Dinophysis
acuminata and water column stratification. In: GEOHAB, Open Science Meeting
on HABs in Stratified Systems. Programme and Book of Abstracts, 33. . http://
www.geohab.info/images/stories/documents/OSM_A4.pdf.
Peperzak, L., Snoeijer, G.J., Dijkema, R., Gieskes, W.W.C., Joordens, J., Peeters, J.C.H.,
Schol, C., Vrieling, E.G., Zevenboom, W., 1996. Development of a Dinophysis
acuminata bloom in the river Rhine plume (North Sea). In: Yasumoto, T.,
Oshima, Y., Fukuvo, V. (Eds.), Harmful and Toxic Algal Blooms. IOC of
UNESCO, pp. 273–276.
Pereira, P., Botelho, M.J., Cabrita, M.T., Vale, C., Moita, M.T., 2012. Winter–summer
nutrient composition linkage to algae produced toxins in shellfish at a eutrophic
coastal lagoon (O´bidos lagoon Portugal). Estuar. Coast. Shelf Sci. 112, 61–72.
Pitcher, G.C., Figueiras, F.G., Hickey, B.M., Moita, M.T., 2010. The physical oceanog-
raphy of upwelling systems and the development of harmful algal blooms. Prog.
Oceanogr. 85, 5–32.
Raine, R., 2014. A review of the biophysical interactions relevant to the promotion of
HABs in stratified systems: the case study of Ireland. Deep Sea Res. II 101,
21–31.
Relvas, P., Barton, E.D., Dubert, J., Oliveira, P.B., Peliz, A., Silva, J.C.B., da Santos, A.M.,
2007. Physical oceanography of the western Iberia ecosystem: latest views and
challenges. Prog. Oceanogr. 74, 149–173.
R Development Core Team, 2011. R: A Language and Environment for Statistical
Computing. R Foundation for Statistical Computing, Vienna, Austria. ISBN 3-
900051-07-0, URL http://www.R-project.org/
Reguera, B., Bravo, I., Marin˜o, J., Campos, M.J., Fraga, S., Carbonell, A., 1993. Trends in
the occurrence of Dinophysis spp. in Galician Coastal Waters. In: Smayda, T.J.,
Shimizu, Y. (Eds.), Toxic Phytoplankton Blooms in the Sea. Elsevier, Amsterdam,
pp. 559–564.
Reguera, B., Bravo, I., Fraga, S., 1995. Autoecology and some life history stages of
Dinophysis acuta Ehrenberg. J. Plankton Res. 17 (5), 999–1115.
Reguera, B., Velo-Sua´rez, L., Raine, R., Park, M.G., 2012. Harmful Dinophysis species: a
review. Harmful Algae 14, 87–106.
Singh, A., Harding, K., Reddy, H.R.V., Godhe, A., 2014. An assessment of Dinophysis
blooms in the coastal Arabian Sea. Harmful Algae 34, 29–35.
Smith, R.L., 1981. In: Richards, F.A. (Ed.), A Comparison of the Structure and
Variability of the Flow Field in Three Coastal Upwelling Regions: Oregon,
Northwest Africa, and Peru. Coastal Upwelling. Coastal and Estuarine Sciences
1, American Geophysical Union, Washington, pp. 107–118.
Sordo, I., Barton, E.D., Cotos, J.M., Pazos, Y., 2001. An inshore poleward current in the
NW of the Iberian peninsula detected from satellite Images, and its relation with
G. catenatum and D. acuminata blooms in the Galician Rias. Estuar. Coast. Shelf
Sci. 53, 787–799.
Vale, P., Botelho, M.J., Rodrigues, S.M., Gomes, S., Sampayo, M.A., 2008. Two decades
of marine biotoxin monitoring in bivalves from Portugal (1986–2006): a review
of exposure assessment. Harmful Algae 7, 11–25.
Velo-Sua´rez, L., Gonza´lez-Gil, S., Gentien, P., Lunven, M., Bechemin, C., Fernand, L.,
Raine, R., 2008. Thin layers of Pseudo-nitzschia spp. and the fate of Dinophysis
acuminata during an upwelling–downwelling cycle in a Galician Rı´a. Limnol.
Oceanogr. 53, 1816–1834.
Velo-Sua´rez, L., Reguera, B., Garces, E., Wyatt, T., 2009. Vertical distribution of
division rates in coastal dinoflagellate Dinophysis spp. populations: implications
for modelling. Mar. Ecol. Prog. Ser. 385, 87–96.
Velo-Sua´rez, L., Reguera, B., Gonzalez-Gil, S., Lunven, M., Lazure, P., Nezan, E.,
Gentien, P., 2010. Application of a 3D Lagrangian model to explain the declineof
a Dinophysis acuminata bloom in the Bay of Biscay. J. Mar. Syst. 83 (3–4),
242–252.
Velo-Sua´rez, L., Gonzalez-Gil, S., Pazos, Y., Reguera, B., 2014. The growth season of
Dinophysis acuminata in an upwelling system embayment: a conceptual model
based on in situ measurements. Deep-Sea Res. II 101, 141–151.
Villarin˜o, M.L., Figueiras, F.G., Jones, K.J., A´lvarez-Salgado, X.A., Richard, J., Edwards,
A., 1995. Evidence of in situ diel vertical migration of a red-tide microplankton
species in Rı´a de Vigo (NW Spain). Mar. Biol. 123, 607–617.
Whyte, C., Swan, S., Davidson, K., 2014. Changing wind patterns linked to unusually
high Dinophysis blooms around the Shetland Islands, Scotland. Harmful Algae
39, 365–373.
Wooster, W., Bakun, A., Mclain, D., 1976. The seasonal upwelling cycle along the
eastern boundary of the North Atlantic. J. Mar. Res. 34, 131–141.
Xie, H., Lazure, P., Gentien, P., 2007. Small scale retentive structures and Dinophysis.
J. Mar. Syst. 64, 173–188.
Yih, W., Kim, H.S., Myung, G., Park, J.W., Yoo, Y.D., Jeong, H.J., 2013. The red-tide
ciliate Mesodinium rubrum in Korean coastal waters. Harmful Algae 30,
S53–S61.
